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Abstract
Background: Generalist herbivores are challenged not only by the low nitrogen and high indigestibility of their plant foods,
but also by physical and chemical defenses of plants. This study investigated the foods of wild parrots in the Peruvian
Amazon and asked whether these foods contain dietary components that are limiting for generalist herbivores (protein,
lipids, minerals) and in what quantity; whether parrots chose foods based on nutrient content; and whether parrots avoid
plants that are chemically defended.
Methodology/Principal Findings: We made 224 field observations of free-ranging parrots of 17 species in 8 genera
foraging on 102 species of trees in an undisturbed tropical rainforest, in two dry seasons (July-August 1992–1993) and one
wet season (January-February1994). We performed laboratory analyses of parts of plants eaten and not eaten by parrots and
brine shrimp assays of toxicity as a proxy for vertebrates. Parrots ate seeds, fruits, flowers, leaves, bark, and insect larvae, but
up to 70% of their diet comprised seeds of many species of tropical trees, in various stages of ripeness. Plant parts eaten by
parrots were rich in protein, lipid, and essential minerals, as well as potentially toxic chemicals. Seeds were higher than other
plant materials in protein and lipid and lower in fiber. Large macaws of three species ate foods higher in protein and lipids
and lower in fiber compared to plant parts available but not eaten. Macaws ate foods that were lower in phenolic
compounds than foods they avoided. Nevertheless, foods eaten by macaws contained measurable levels of toxicity. Macaws
did not appear to make dietary selections based on mineral content.
Conclusions/Significance: Parrots represent a remarkable example of a generalist herbivore that consumes seeds
destructively despite plant chemical defenses. With the ability to eat toxic foods, rainforest-dwelling parrots exploited a
diversity of nutritious foods, even in the dry season when food was scarce for other frugivores and granivores.
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Introduction
The ecological role of parrots in tropical forests may yet be
underestimated, but a growing number of recent studies have
described the feeding ecology and diets of wild parrots (in the
neotropics alone: [1–17]). Although often classified as frugivores,
most parrots eat seeds in various stages of ripeness as the primary
component of their diets, with larger parrots eating a higher
proportion of seeds relative to fruit pulp than do smaller parrots
[6,7,9,14,15,18,19]. Most of these recent studies classify parrots as
pre-dispersal seed predators, regardless of geographic region or
habitat type. Only one species of parrot, Pesquet’s Parrot Psittrichus
fulgidus, is a specialized frugivore, feeding exclusively on the pulp of
figs [20]. Although lorikeets consume some fruit pulp along with
other vegetative parts, they depend primarily upon nectar and
pollen for their energy and nutrition [21–22]. When foraging
parrots other than lories and Pesquet’s Parrots target fruit, they
may consume pulp but at least as often they discard it in favor of
the seeds inside [23]. Moreover, parrots eat seeds when the fruits
are unripe and therefore before seeds are ready for dispersal [14].
With powerful bills, many parrots appear easily to circumvent the
physical protection of hard-shelled seeds [24], but whether seed-
borne chemicals can act as deterrents or as poison to these birds
has not been well understood. Observations suggest that wild
parrots consume seeds that are highly toxic to humans and other
vertebrates [25–27] but no study to our knowledge has yet
explored the relationship between plant chemical defenses and
granivory or frugivory by parrots acting as predispersal seed
predators. Also as yet unclear is whether these plant foods are
nutritionally limiting for wild parrots in lowland humid forests.
The undisturbed lowland Amazonian forest represents the
center of biodiversity for Neotropical parrots, hosting up to 25
coexisting species in some places. These forests therefore provide
an opportunity to explore the biology of a diverse community of
parrots and to evaluate the parrots’ role in this complex ecosystem.
Central to this role is that of parrots as predispersal seed predators,
able to overcome the chemical defenses of plants while meeting
their nutritional requirements. For herbivores, these requirements
would center on sufficient protein, lipids, and minerals, while
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secondary compounds. As part of a broader study of parrots in the
Peruvian Amazon of Manu National Park [28–30], we investigat-
ed the foods eaten by 17 species of parrots. In this study, we focus
on the species and parts of the plants eaten by parrots, nutritional
analysis of foods chosen, and toxicity of the plants included and
excluded from the diet. In integrating these behavioral and
chemical data with other aspects of the foraging ecology of parrots
[28–30], our study is the first of which we are aware to evaluate
the use of well-defended toxic food by parrots in addition to
documenting the nutritional content of the natural foods of adult
parrots.
Methods
Study Site and Species
We observed foraging in 17 species of parrots at two field sites,
Manu National Park (11u579S; 71u179 W; hereafter ‘‘Manu’’) and
in the Tambopata-Candamo Reserved Zone (13u109S; 69u309W;
hereafter ‘‘Tambopata’’), described in detail elsewhere [28,30–32].
This region lies at the base of the Andes in tropical humid forest in
southeastern Peru ´. These forests have remained remarkably
unaffected by modern human activity and retained their pre-
Columbian biodiversity at the time of this study. The abundant
parrots in the region ranged in size from the diminutive parrotlets
(25 g) to the large macaws (.1200 g) and included 8 genera
recorded in this study, from large to small (additional description
in [29]): Ara (A. ararauna, A. chloropterus, A. macao, A. severus); Amazona
(A. farinosa, A. orchrocephala); Pionus (P. menstruus); Aratinga (A.
leucophthalama, A. weddellii); Orthopsittaca (O. manilata); Pionites (P.
leucogaster); Pyrilia (P. barrabandi); Pyrrhura (P. picta, P. rupicola);
Brotogeris (B. cyanoptera, B. sanctithomae); and Forpus (F. modestus).
Foraging Observations
We observed parrots foraging by walking census routes in Manu
during the dry seasons (July and August) of 1992 and 1993. We
made all Tambopata observations during the wet season (January
and February) of 1994. We located foraging birds by direct
observation from emergent trees, by hearing vocalizations, or most
often, by hearing falling fruit. Observers walked the same pre-
established paths through the forest for 1 to 3 hours each day
(0630–0930 hours) during these months. We conducted 10–13
morning censuses in each habitat and stratified observations so
that each habitat type received equal censusing effort.
When we located foraging parrots, we noted: the species identity
of both tree and parrot(s); which plant parts were consumed and
the stage of ripeness of fruits and seeds. Because of concern for
statistical independence, for this study, we noted only each first
observation of parrot species and exploited tree species. Sample
size was therefore highly conservative; we noted 224 total unique
observations of members of a given species of parrot feeding on a
given species of tree. We collected plant samples from the ground
below a foraging event, or we climbed the tree and collected fruit
directly from the canopy at the same stage of maturity as those
being consumed. We defined seed predation as the destructive use
of seeds, consumption of whole fruits (such as figs) or of unripe
fruits within which seeds might be consumed whole but were not
ready for dispersal when consumed. Therefore to estimate
granivory (digestion of seeds) in contrast to frugivory (digestion
of fruit pulp), we counted as granivory any instance in which we
observed whole fruits, unripe fruits, or seeds taken by parrots. We
estimated use of unripe fruit or seed based on color and state of
plant parts falling to the ground. Plants were identified to species
by botanists working in the two reserves [31–32] by direct
observation of samples or by photographs. Foraging observations
as raw data are provided in Dataset S1 (Appendix 1).
Laboratory Analyses
Following collection, we dissected the plant samples, weighed
them fresh, and then dried all samples to constant weight using
simple drying ovens at a relatively constant temperature (#40uC).
In laboratories on the UC Davis campus, we re-dried the samples
in a vacuum oven overnight (40uC) and ground them for passage
through a 1 mm sieve using either a Wiley Mill or a coffee grinder.
We determined lipid content by extracting 0.5–1.0 g dried plant
material in diethyl ether using a Soxtec extractor, evaporating the
ether from the extract, and comparing dried extract to sample
proportion by weight [33]. We determined crude protein with
standard methods using a nitrogen gas analyzer (LECO FP-428,
[34]) and multiplied by 6.25 to estimate crude protein as percent of
total weight. We measured neutral detergent fiber, which
represents the total fiber fraction (cellulose, hemicelluloses and
lignin) that make up cell walls within the food tissue, by following
Goering & Van Soest [35] with the addition of heat-stable a-
amylase [36].
We tested all plant samples for mineral content by digesting
500 mg dry material in 0.5 ml concentrated HNO3 and 2 ml 30
percent H2O2 in a teflon vessel and heated under pressure in a
microwave oven (5 min at 40% power, 8 min at 90% power;
CEM Corp. MDS 2000). We diluted this to 15 ml with H20, and
then analyzed the extracts using inductively coupled plasma
optical emission spectroscopy (Thermo Jarrell Ash Atomscan 25)
for the following minerals: Na, Mg, P, S, K, Ca, Fe, Zn. We
converted raw results to mg/kg using a three point standard curves
based on reference solutions for the appropriate element (Fisher).
We tested all plant materials for total phenolic compounds using
the Folin-Ciocalteau method [37]. We extracted 300 mg of dried
sample in 10 ml of 50 percent methanol at 50uC for 24 hours and
tested an aliquot with the Folin-Ciocalteau reagent, reading
absorbance at 720 nm. We compared the raw results with a
chlorogenic acid standard curve and present the results as percent
chlorogenic acid equivalents.
We tested plant materials for toxicity using a standard brine
shrimp bioassay [38,39]. Brine shrimp assays are widely
established as proxies for vertebrates in human medicine and
agriculture (e.g., [40–43]). After extracting 500 mg of dry plant
material in 10 ml 100 percent methanol for 24 hours, we pipetted
0 ml, 10 ml, 100 ml, or 500 ml of the extract into three cells of a 12
well tissue culture plate (Falcon) and dried them in vacuo. After
adding 5 ml of artificial seawater (Instant Ocean, Aquarium
Systems) to each cell, we transferred 10 to 25 individual 24-hour
old brine shrimp nauplii to each cell. We covered the plates and
counted live versus moribund or dead shrimp 24 hours later. We
analyzed counts using a probit analysis, which estimates the
amount of extract that caused 50 percent mortality (LD50) using
POLO software [44]. To calibrate these brine shrimp LD50 values,
we tested several pure phenolics, saponins, and other toxins with
the following LD50 results in mg/g: a-amanitin 0.001, digitonin
0.07, digitoxin 0.02, quercetin .5.0, quinidine 0.32, quinine 0.55,
rutin .5, ß-escin 0.05, strychnine 0.11, and tannic acid 0.26.
Determining how nutritional components affect dietary selec-
tion in wild animals is notoriously difficult [45]. Rather than
testing all plant resources in an attempt to measure ‘‘available’’
versus selected plants, we collected samples of plant parts that fit
into two broad categories: plants that we had evidence for at least
one parrot species consuming (eaten); and parts of those same
plants discarded or ignored by foraging parrots (e.g., fruit, seed
coats) or similar and abundant reproductive parts of other plants
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These collections are neither complete, nor are they necessarily
representative. Nevertheless, by sampling foods that a given
species of parrot does consume and comparing with those that it
does not, we can generate a rough approximation of parrot food
choices, particularly in macaws where our data are best, and
estimate the criteria by which parrots select or reject potential
foods. Our results therefore represent an inventory of known food
plants for the parrots at this site. Because of our sampling methods,
we do not claim to estimate diet or foraging niche of these species.
Statistical Analyses
To assess how the quality of available foods varied with plant
structure, we compared mean values of different plant parts: seeds;
whole fruit; fruit pulp; and other parts (nectar, flowers, stems,
buds, bark, etc.), using a series of one-way ANOVAs on the
various components. For the three largest macaws, we compared
plant parts that were eaten by parrots of a given species against
plant parts that were available to them but not eaten, using a series
of one-way ANOVAs. Where differences among means were
significant in one-way ANOVAs, we employed Bonferronni post-
hoc analysis for multiple comparisons, including both standard
Bonferroni estimates on the 14 univariate ANOVAs, as well as
sequential Bonferroni estimates on means of different plant parts
within each univariate analysis of components. Although use of
Bonferroni or other corrections are appropriate where multiple
comparisons are made, a number of researchers question the
overly conservative estimates of statistical significance provided by
the Bonferroni tests, particularly in disciplines in which data are
difficult to come by (such as in this study) [46–48]. We therefore
discuss all of our results based on the univariate results and present
them as hypotheses to be tested by future studies.
Results
Parrots of the 17 species observed in this study fed from a total
of 102 species of plants, for a total of 224 unique observations of
parrots of a given species exploiting trees of a given species
(Table 1, Table S1, Dataset S1 Appendix 1). Numbers of
observations and number of plant species exploited differed
among taxa of parrots (Table 1). This variation reflected a
combination of conspicuousness of parrots and relative abundance
of both parrot and plants, and not degree of specialization on plant
species. Most observations in this study were of the large Ara
macaws, which used 43 percent of the 102 plant species exploited
by parrots. Our data herein represent an inventory of tree species
exploited by parrots in this region of southern Peru ´ and are not
presented as an estimate of diet or niches of the parrot species
involved.
Parrots fed from both reproductive and non-reproductive parts
of these plants, but by far most plant species (92%) were exploited
for their reproductive parts (Table 1). For these species, we wished
to estimate the degree of granivory, that is, seed predation. For 56
percent of the plant species exploited, seeds were consumed
directly (Table 1) and in a destructive manner, as indicated by our
inspection of debris on the ground below foraging events. Parrots
foraged on unripe fruits and seeds of 21 percent of plant species
exploited, and all of these were presumably destroyed and not
Table 1. Number of a total of 102 plant species exploited by each of 17 species of parrots in lowland humid forest of Peru ´,






















Ara ararauna 1 7 5 3511 3 0 20
A. chloropterus 32 12 10 16 3 0 1 0 1 1
A. macao 52 22 12 23 5 2 5 1 0 1
A. severus 1 3 1 2400 4 0 11
Amazona farinosa 1 1 3 2431 2 0 00
A. ochrocephala 6 1 2200 1 0 10
Aratinga leucopthalama 7 3 0201 4 0 00
A. weddellii 3 1 1100 2 0 00
Brotogeris spp. 1 4 5 1602 5 0 00
B. cyanoptera 8 0 0103 3 0 10
B. sanctithomae 1 9 3 0217 5 0 40
Orthopsittaca manilata 1 0 0100 0 0 00
Pionites leucogaster 1 1 3 2211 2 0 11
Pyrrhura picta 1 6 1 1308 1 0 20
P. rupicola 7 0 0213 1 0 00
Forpus modestus 3 0 0021 0 0 00
Pionus menstruus 3 1 2000 0 0 00
Pyrilia barrabandi 2 0 1000 1 0 00
1Number of observations equals the number of unique observations of individuals of a given species of parrot feeding on some part of a given species of tree, for a total
of 224 unique observations of 17 species of parrots collectively exploiting 102 species of trees. Only the first unique combination of parrot and tree species was used to
ensure independence of observations (see Methods). Thus the number of observations for a given parrot species is equal to the number of tree species exploited by
each species of parrot.
doi:10.1371/journal.pone.0038293.t001
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the same species as above), the parrots tore apart ripe and unripe
fruits during their foraging activities. Parrots ate the whole fruits
only of 15 percent of plant species exploited, providing an estimate
of the maximum number of plant species potentially dispersed by
parrots. In addition, parrots fed on flower tissue and nectar from
an additional 9 percent of plant species, mostly destructively and
therefore not as pollen dispersers. Thus for over 80 percent of the
food species they exploited, parrots potentially harmed the
reproductive capacity of plants during this interaction (Table 1).
Of the plant parts used by parrots, protein and lipid levels were
relatively high, as were fiber levels (Table 2, Table 3). Seeds
contained significantly more protein and lipid and less fiber than
other plant parts (Table 2). Seeds of a variety of species were more
than 25 percent crude protein, ranging up to 48 percent protein,
and likewise frequently in excess of 30 percent lipid, ranging up to
57 percent lipid (Dataset S1 Appendix 2). Seeds averaged 19
percent protein, compared to 9 percent for whole fruits, and 7
percent for fruit pulp (back-transformed means from Table 2).
Similarly, seeds averaged 11 percent lipid, compared to 5 percent
for whole fruit and 2 percent for fruit pulp (Table 2). In contrast,
seeds averaged 16 percent fiber, compared to 46 percent for whole
fruit, 22 percent for fruit pulp, and 40 percent for other plant
parts.
Phenolics content of plant foods varied from essentially none to
more than 75 percent chlorogenic acid equivalents (Dataset S1
Appendix 2). Mean phenolics content of the different plant parts
was highest in the ‘‘other’’ category containing flowers and
vegetative plant structures (9 percent), and lowest for seeds and
whole fruits (2 percent for each) (Table 2). General toxicity as
LD50, which we assayed with brine shrimp and calibrated against
pure known standards of pure phenolics, saponins, and other
toxins (Methods), was frequently high (Dataset S1 Appendix 2).
LD50 values closely tracked those of phenolics in all plant parts.
Many of the plants tested in this study are likely to be highly toxic,
particularly those with LD50 values of #1 mg/g (Table 2).
These plant foods were relatively rich in most macro-minerals
(Table 2). For most minerals, plant parts did not different
significantly in amounts relative to one another (Table 2). Of
those showing significant differences (Table 2), only phosporus,
sulphur and zinc tended to be higher in seeds than in other plant
parts. Sodium, a mineral limiting to many herbivores, did not
differ among plant parts (Table 2).
With relatively larger sample sizes of the Ara macaws, we
investigated whether these macaws selected foods based upon their
nutritional or toxic content. Macaws ate foods that were
significantly higher in protein and lower in fiber and phenolics
than equivalent plant parts that were available at the time macaws
were observed foraging (Table 3). Macaws also ate foods that were
higher in fat and lower in measured levels of toxicity, but these
comparisons were not statistically significant, unless we consider a
one-tailed test for estimates of LD50 (Table 3). No major patterns
emerged in the mineral content of foods eaten and not eaten by
macaws. Calcium levels were marginally lower and phosphorus
significantly higher in foods eaten compared to those not eaten
(Table 3). Level of sodium was not different in foods eaten
compared to those not eaten (Table 3).
Discussion
Parrots in this study ate a variety of plant species, a pattern
common in granivorous parrots living in tropical humid forests
worldwide [8–9], [11], [15] [49–52]. Because our study was an
inventory of tree species exploited, our results demonstrated the
minimum number of tree species included in the diets of the
Table 2. Nutritional content (mean 6 SE) of plant species consumed by parrots in lowland humid forests of Peru ´.
1
Seed Whole fruit Fruit pulp Other Univariate test of significance
Component Mean SE Mean SE Mean SE Mean SE F d.f. P
2
Crude protein 21.93 a
3 2.09 9.67 b 1.08 8.05 b 1.17 9.66 b 1.41 12.7 3,64 ,0.0000
Fiber (NDF) 24.6a 4.11 48.08 b 3.47 28.08 a,b 5.79 42.76 b 6.07 7.8 3,60 0.0002
Crude fat 22.86 a 3.57 9.87 a 3.67 3.91 b 1.32 2.12 a,b 0.87 4.8 3,57 0.0048
Ash 0.85 0.3 1.85 0.22 1.00 0.336 0.95 0.25 1.6 3,73 0.21
Total phenolics 5.03 a 1.69 2.77 a 0.711 8.27 a 5.24 14.5 b 3.02 5.2 3,67 0.0027
Toxcity LD50 1.48 0.327 0.661 0.164 1.27 0.343 2.84 0.62 1.7 3,73 0.1722
Calcium 3050 a 442 853 b 1729 1690 c 337 12500 b 4280 12.5 3,73 ,0.0000
Iron 62.2 6.6 80.7 13 57.5 8.04 55.1 9.48 0.5 3,73 0.6672
Potassium 14400 1340 20800 2950 22800 879 14100 2810 2 3,73 0.1288
Magnesium 3380 a 440 3120 a 395 1701 b 358 2490 a 517 4 3,73 0.0109
Sodium 31.8 5.51 36.4 6.3 59.8 9.29 32.9 10.7 0.7 3,73 0.5479
Phosphorus 4990 a 612 255 a,b 262 2980 b 1090 1650 b 337 7.7 3,73 0.0001
Sulphur 3160 a 724 1070 b 86.9 1144 b 424 1930 a,b 601 8.2 3,73 0.0001
Zinc 37.8 a 4.71 16.2 b 1.34 15.5 b 2.7 21.5 a,b 4.1 5.4 3,73 0.0021
Sample size 29 14 14 11
1All values are on a dry-weight basis. Units are: percentage for proximate nutritional components; percentage chlorogenic acid equivalents for phenolics; mg/g for
estimates of LD50; and mg/kg for minerals. All data was log(10) transformed for analysis, and non-transformed values are presented.
2Using the standard Bonferroni correction for P-values, the following variables retain a statistically significant effect: Crude protein, P,0.00014; calcium, P,0.00014;
sulfur, P=0.0014; phosphorus, P=0.0014; fiber (NDF), P=0.0028; zinc, P=0.0294; total phenolics, P=0.0378. Fat becomes only marginally significant, P=0.0672.
3For each variable, a sequential Bonferroni comparison of means of different plant parts is indicated by letters, i.e., a, b, c, to note significant differences between means.
These are provided only for variables with significant univariate effects.
doi:10.1371/journal.pone.0038293.t002
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nian Peru ´. This study was not designed to estimate the actual diet
of any species. Although we sampled different seasons, our sample
sizes were not sufficient to explore nutritional patterns in seasonal
use of tree resources. Because no study has yet presented
nutritional and toxicity data on foods of free-ranging wild parrots,
we present these data in the spirit of making them available for
future researchers who will be increasing sample sizes. To this end,
the raw data from this study are available in Dataset S1
Appendices 1 and 2.
Nutrition and Toxicity of Foods
The dietary diversity observed in this study prompts discussion
of whether the parrots are seeking nutrients, or avoiding
chemicals, or both, by being generalist herbivores and acquiring
their food from many different species of plants. We obtained the
expected result that seeds are higher in protein and lipids and
lower in fiber (refractory material) than is fruit pulp from the same
species of plants. Likewise, seeds and fruit analyzed in this study
were much higher in protein and lipids and much lower in fiber
than were vegetative parts of the same plants. Thus our study
corroborated the general findings of studies on digestive physiol-
ogy reviewed in Karasov & Martinez del Rio [53], but it is the first
study to do nutritional analysis on the actual food of adult parrots
in the wild. In our study, macaws ate foods that were more
nutritious and less well defended with fiber and toxins than foods
that were available to them but that they were not observed to eat.
These results, combined with the overall picture of granivory in
parrots, provide evidence that parrots choose foods based on their
nutritional benefits and costs of plant defenses, a behavior
demonstrated in other vertebrate herbivores [54–58]. As to be
expected, the levels of protein and fat in foods eaten by adults in
this study are lower than found in the crops wild macaw chicks
[59].
In our study, virtually all plant parts chosen by parrots
contained phenolics and other substances known to be toxic to
vertebrates; a significant proportion of their observed foods
contained levels that are considered to be highly toxic. Although
direct testing of toxicity of each of these food items in a bird or
even a vertebrate was beyond the scope of this study, as well as
ethically problematic, the brine-shrimp bioassay was useful in
providing a rough measure of toxicity, partly because the toxicities
of these parrot foods varied over three orders of magnitude (cf.
[39]). Indeed, the brine shrimp assay is widely used and accepted
in human medicine and agriculture, as a quick and inexpensive
proxy for toxicity experienced by vertebrates (see Methods).
Accordingly, from comparison with toxicities of well-known plant
secondary compounds tested with the same assay, and because
some of these seeds, e.g., Hura [60] and Hevea [61], are known to
be poisonous to vertebrates, we conclude that many of the plants
consumed by parrots are toxic to vertebrates in general. Secondary
compounds are well known to be produced by plants at often high
cost to their own growth and reproduction (e.g., [62]) to deter
herbivores.
Plant secondary compounds are known to deter foraging in
herbivorous birds and mammals, yet toxic foods were nevertheless
consumed by these herbivores, presumably as a trade-off in
obtaining higher nutrition or abundant available food [54,57].
Parrots apparently try to avoid toxic food, but our study shows that
their foods nonetheless contain measurable levels of toxins and
thus avoidence of these compounds is lower priority than choosing
foods with higher nutritional content. In other words, parrots are
able to overlook the presence of toxins in their choice of nutritious
foods. This ability separates parrots from many other avian
herbivores targeting fruits of rainforest plants. Many if not most
Table 3. Nutritional content (mean 6 SE) of plant species consumed by macaws compared with plant species not eaten.
1,2,3
Eaten Not eaten ANOVA
Plant food component Mean N Mean N F d.f. P
Crude protein 16.261.78 39 10.761.43 24 4.5 1,62 0.037
Fiber (NDF) 27.763.18 39 42.264.63 20 6.7 1,58 0.012
Ash 0.860.16 28 1.36.024 19 4.1 1,46 0.049
Crude fat 15.662.91 40 9.863.46 18 0.4 1,57 0.531
Total phenolics 4.961.46 41 11.463.51 23 4.5 1,63 0.039
Toxicity LD50 7.565.57 39 5.161.86 23 2.7 1,61 0.105
Calicum 40706734 42 832062210 24 3.6 1,65 0.063
Iron 61.364.9 42 63.269.03 24 0.1 1,65 0.759
Potassium 1460067150 42 2650062170 24 0.3 1,65 0.571
Magnesium 30406368 42 22606258 24 1.1 1,65 0.289
Sodium 38.564.82 42 37.466.9 24 0.2 1,65 0.662
Phosphorus 37866463 42 30306778 24 4.4 1,65 0.041
Sulfur 24406593 42 16706343 24 0.1 1,65 0.744
Zinc 27.96308 42 2062.41 24 1.1 1,65 0.29
1Observations are pooled for all three macaw species, Ara macao, A. chloroptera, and A. ararauana, comparing foods eaten by a member of at least one species of Ara
macaw with foods not eaten by macaws in this study, but available simultaneously to macaws during their foraging activities.
2All values are on a dry-weight basis. Units are: percentage for proximate nutritional components; percentage chlorogenic acid equivalents for phenolics; mg/g for
estimates of LD50; and mg/kg for minerals. All data was log(10) transformed for analysis, and non- transformed values are presented.
3A straight Bonferroni correction for 14 comparisons yields none of these univariate comparisons statistically significant. We present these data nevertheless, because of
criticism of this correction being overly conservative and resulting in excessive Type II error (see Methods), particularly in disciplines such as ecology and behavior where
data are difficult to obtain.
doi:10.1371/journal.pone.0038293.t003
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as animal dispersal agents and mutualistic partners by digesting
only the fruit pulp [63].
No one has yet studied the physiological effects of toxins or costs
of detoxification in parrots. Studies of other herbivores reveal that
these costs may be high, depending on the environmental
demands. For example, processing of secondary plant compounds
that serve as toxic deterrents to vertebrate herbivores may have
significant effects on sodium and water balance or require high
energy or other costs in producing enzymes or carrier proteins
such as P-glycoprotein [64–66]. Although we do not yet know of
specific physiological adaptations of parrots to detoxify their food,
consuming clay has been shown experimentally to function in vivo
in food detoxification in parrots [30]. The variety of foods
consumed by parrots in this study may be related to obtaining
protein and lipids from toxic foods, supporting the hypothesis that
herbivores should increase their dietary diversity when confronting
a variety of chemically defended foods [67]. An alternate but not
mutually exclusive view is that plant secondary compounds
provide herbivores with potential benefits, such as interacting
with other molecules to cause foods to be more nutritious or to kill
internal parasites [68].
Our study was inconclusive on whether minerals are potentially
limiting in the diet and whether parrots chose foods based upon
their mineral content. Only one mineral, phosphorus, was higher
in foods eaten than not eaten by macaws. Certainly, natural foods
of these parrots contain measurable amounts of eight nutritionally
important minerals; future studies should compare these levels
with those in formulated captive diets. Others have argued that
consumption of clay may play a role in mineral acquisition [69–
71], but our data show that parrots do not select foods based upon
content of most potentially limiting minerals, including sodium
and calcium.
Understanding and providing adequate nutrition may be critical
to recovery programs for endangered and threatened species of
granivorous parrots, as it has been for the folivorous Kakapo
(Strigops habroptilus) [72]. Our data may aid such efforts by allowing
comparison of nutrient and mineral contents of their natural foods
with those presented to parrots in captivity.
Mesoscale Predispersal Seed Predators in Tropical Forest
Ecosystems
Recent studies of parrots foraging in tropical humid forests
stress the high diversity of plant species in the diet, seasonality or
unpredictability of fruit production, and the low density and high
dispersion of individual trees of any given species typical of
lowland forests ([9,12,15], [49–50], [73–75]. These factors
combine to present particular challenges to foraging herbivores
in tropical rainforests, faced with finding sufficient food of
sufficient nutritional quality at all times. Parrots and other forest
herbivores commonly meet this challenge with high mobility [29],
[76–78], and high degree of sociality, which permits the sharing of
information on resource availability [11], [29], [79–81]. Our study
is the first to establish the extent to which toxic foods are routinely
included in the diet of granivorous parrots and therefore to
highlight how this ability may allow parrots to exploit the
mesoscale forager niche so successfully and to avoid competition
from other vertebrate herbivores [75].
Our study corroborates that parrots act as predispersal seed
predators, as found by numerous other studies of granivorous
parrots [4–6,10,13–14,16,25] and references therein). In seeking
seeds for their high-value nutrition, parrots are clearly not going to
serve as dispersal agents for most of these seeds, even though some
dispersal may be incidentally accomplished as seed predators
forage on their food [82]. Parrots bypass mechanical defenses with
their formidable beaks, fortified skulls, and jaw muscles unique to
the Psittaciformes [24]. Our study demonstrates in turn just how
ineffectual are the chemical defenses that plants mount against
parrot herbivory.
Thus parrots as social and mobile seed predators may play a
significant role in the structure of topical forest ecosystems. The
widespread fragmentation of tropical forests, however, is most
likely to have an impact on species that function on such broad
spatial scales [63,83]. Severe habitat destruction and fragmenta-
tion in the tropical forests puts parrots, as mesoscale seed
predators, at particular risk and may well have contributed to
the decline in populations of many species in this order [84].
Supporting Information
Table S1 List of 102 species of trees exploited by the
community of parrots in Manu National Park and
Tambopata Reserve in the lowland humid forest of
Peru ´, showing the number of species of parrot in each
genus observed to eat some part of a given species of
tree.
(DOC)
Dataset S1 Plants eaten by parrots in southeastern
Peru, noting part consumed and stage of maturity.
(XLS)
Acknowledgments
We are thankful for the assistance of many people in Peru, especially
Mariana D. Valqui H., Charles A. Munn, Estevan Huaman V., Renzo
Piana Arenas, Allan Batievsky, Billy Karesh, Juan Curaca, Dionisio
Raimundi and the Machiguenga community of Tayakome, Daniel H.
Blanco Z., Patricia E. Villafuerte T., and Thomas H. Valqui H. Fernando
Cornejo and Susan Mazer provided invaluable help identifying food plants;
John DeBenedictis and Lynn Kimsey identified insect larvae. Scott
McWilliams provided essential guidance and help with nutritional analyses.
Several colleagues have improved this paper with helpful comments; Sean
Duffey, Kathryn Hanley, Jim Quinn, Noel Snyder, and Tim Wright. Co-
author Catherine A. Toft passed away in December 2011; this manuscript
is dedicated in her memory.
Author Contributions
Conceived and designed the experiments: JDG. Performed the experi-
ments: JDG. Analyzed the data: JDG CAT. Contributed reagents/
materials/analysis tools: JDG CAT. Wrote the paper: JDG CAT.
References
1. Coates-Estrada R, Estrada A, Merritt, D (1993) Foraging by parrots (Amazona
autumnalis) on fruits of Stemmadenia donnell-smithii (Apocynaceae) in the tropical
rain forest of Los Tuxtlas, Mexico. Journal of Tropical Ecology 9: 121–124.
2. Galetti M, Rodrigues M (1992) Comparative seed predation on pods by parrots
in Brazil. Biotropica 24: 222–224.
3. Renton K (2001) Lilac-crowned parrot diet and food resource availability:
Resource tracking by a parrot seed predator. Condor 103: 62–69.
4. Francisco MR, de Oliveira Lunardi V, Galetti M (2002) Massive seed predation
of Pseudobombax grandiflorum (Bombaceae) by parakeets Brotogeris versicolurus
(Psittacidae) in a forest fragment in Brazil. Biotropica 34: 613–15.
5. Trivedi MR, Cornejo FH, Watkinson AR (2004) Seed predation on Brazil nuts
(Bertholletia excelsa) by macaws (Psittacidae) in Madre de Dios, Peru. Biotropica
36: 118–122.
Foraging Ecology of Parrots in Peru
PLoS ONE | www.plosone.org 6 June 2012 | Volume 7 | Issue 6 | e382936. da Silva PA (2005) Seed predation by Red-shouldered Macaw (Diopsittaca nobilis,
Psittacidae) in an exotic plant (Melia azedurach, Meliaccae) in the state of Sa ˜o
Paulo, Brazil. Revista Brasileira De Ornitologia 13: 183–185.
7. Renton K (2006) Diet of adult and nestling Scarlet Macaws in southwest Belize,
Central America. Biotropica 38: 280–283.
8. Vaughan C, Nemeth N, Marineros L (2006) Scarlet macaw, Ara macao,
(Psittaciformes: Psittacidae) diet in Central Pacific Costa Rica. Revista De
Biologia Tropical 54: 919–926.
9. Berg KS (2007) Great Green Macaws and the annual cycle of their food plants
in Ecuador. Journal of Field Ornithology 78: 1–10.
10. da Silva PA (2007) Seed predation by parakeets Brotogeris chiriri (Psittacidae) in
Chorisia speciosa (Bombacaceae). Revista Brasileira De Ornitologia 15: 127–129.
11. Paranhos SJ, de Araujo CB, Marcondes-Machado LO (2007) Feeding behavior
of the Yellow-chevroned Parakeet at the northeast of the State of Sa ˜o Paulo
State, Brazil. Revista Brasileira De Ornitologia 15: 95–101.
12. Ragusa-Netto J (2007) Nectar, fleshy fruits and the abundance of parrots at a
gallery forest in the southern Pantanal (Brazil). Studies on Neotropical Fauna
and Environment 42: 93–99.
13. Francisco MR, Lunardi VO, Guimaraes PR, Galetti M (2008) Factors affecting
seed predation of Eriotheca gracipiles (Bombacaceae) by parakeets in a cerrado
fragment. Acta Oecologica-International Journal of Ecology 33: 240–245.
14. Haugaasen T (2008) Seed predation of Couratari guianensis (Lecythidaceae) by
macaws in central Amazonia, Brazil. Ornitologia Neotropical 19: 321–328.
15. Matuzak GD, Bezy MB, Brightsmith DJ (2008) Foraging ecology of parrots in a
modified landscape: Seasonal trends and introduced species. Wilson Journal of
Ornithology 120: 353–365.
16. Shepherd JD, Ditgen RA, Sanguinetti J (2008) Araucaria araucana and the Austral
parakeet: pre-dispersal seed predation on a masting species. Revista Chilena De
Historia Natural 81: 395–401.
17. Villasen ˜or-Sa ´nchez EI, Dirzo R, Renton K (2010) Importance of the Lilac-
crowned Parrot in pre-dispersal seed predation of Astronium graveolens in a
Mexican tropical dry forest. Journal of Tropical Ecology 26: 227–236.
18. Silvius KM (1995) Avian consumers of cardon fruits (Stenocereus griseus, Cactaceae)
on Margarita Island, Venezuela. Biotropica 27: 96–105.
19. Galetti M (1997) Seasonal abundance and feeding ecology of parrots and
parakeets in a lowland Atlantic forest of Brazil. Ararajuba 5: 115–126.
20. Pryor GS, Levey DJ, Dierenfeld ES (2001) Protein requirements of a specialized
frugivore, Pesquet’s Parrot (Psittrichas fulgidus). Auk 118: 1080–1088.
21. Tsahar E, Ara Z, Izhaki I, Del RioCM (2006) Do nectar- and fruit-eating birds
have lower nitrogen requirements than omnivores? An allometric test. Auk 123:
1004–1012.
22. Wolf P, Habich AC, Burkle M, Kamphues J (2007) Basic data on food intake,
nutrient digestibility and energy requirements of lorikeets. Journal of Animal
Physiology and Animal Nutrition 91: 282–288.
23. Janzen DH (1981) Ficus ovalis seed predation by an Orange-chinned Parakeet
(Brotogeris jugularis) in Costa Rica. Auk 98: 841–844.
24. Homberger DG, Ziswiler V (1980) Funktionell morphologische untersuchungen
zur radiation der ernahrungs und trinkmethoden der papageien (Psittaci).
Bonner Zoologische Monographien 13: 1–192.
25. Norconk MA, Grafton BW, Conklin-Brittain NL (1998) Seed dispersal by
neotropical seed predators. American Journal of Primatology 45: 103–126.
26. Acedo V (1992) Ecology of the Yellow-naped Amazon in Guatemala. AFA
Watchbirds 19: 31–34.
27. Janzen DH, Fellows LE, Waterman PG (1990) What protects Lonchocarpus
(Leguminosae) seeds in a Costa Rican dry forest. Biotropica 22(3): 272–285.
28. Gilardi JD (1996) Ecology of parrots in the Peruvian Amazon: Habitat use,
nutrition, and geophagy. Ph.D. dissertation, UC Davis, Davis, California.
29. Gilardi JD, Munn CA (1998) Patterns of activity, flocking, and habitat use in
parrots of the Peruvian Amazon. Condor 100: 641–653.
30. Gilardi JD, Duffey SS, Munn CA, Tell LA (1999) Biochemical functions of
geophagy in parrots: Detoxification of dietary toxins and cytoprotective effects.
J Chemical Ecology 25: 897–922.
31. Foster RB, Parker TA, Gentry AH, Emmons LH, Chiccho ´n A, et al. (1994) The
Tambopata-Candamo Reserved Zone of Southeastern Peru : a Biological
Assessment, RAP Working Papers #6. Washington DC: Conservation
International.
32. Cano A, Young KR, Leon B, Foster RB (1995) Composition and diversity of
flowering plants in the upper montane forest of Manu National Park, southern
Peru. In Churchill SP, Balsley H, Forero E, Luteyn JL, editors. Composition and
diversity of flowering plants in the upper montane forest of Manu National Park,
southern Peru. New York: The New York Botanical Garden. pp. Pages 271–
280.
33. Allen SE (1989) Chemical analysis of ecological materials. Boston: Blackwell
Scientific. 565 pp.
34. Sweeney RA (1989) Generic combustion method for determination of crude
protein in feeds: collaborative study. Journal of the Association of Official
Analytical Chemists 72: 770–774.
35. Goering HK, Van Soest PJ (1970) Forage fiber analysis. Agriculture, Agriculture
Handbook No. 379. Washington DC: U.S. Government Printing Office.
36. Undersander D, Mertens DR, Thiex N (1993) Forage analyses procedures.
Omaha, NE: National Forage Testing Association.
37. Waterman PG, Mole S (1994) Analysis of plant phenolic metabolites. Boston:
Blackwell Scientific Publications. 238 pp.
38. Meyer BN, Ferrigni NR, Putnam JE, Jacobsen LB, Nichols DE, et al. (1982)
Brine shrimp: a convenient general bioassay for active plant constituents. Planta
Medica 45: 31–4.
39. Solis PN, Wright CW, Anderson MM, Gupta MP, Phillipson JD (1993) A
microwell cytotoxicity assay using Artemia salina brine shrimp. Planta Medica 59:
250–252.
40. Hartl M, Humpf HU (2000) Toxicity assessment of fumonisins using the brine
shrimp (Artemia salina) bioassay. Food and Chemical Toxicology 38: 1097–1102.
41. Horgen FD, Edrada RA, de los Reyes G, Agcaoili F, Madulid DA, et al. (2001)
Biological screening of rain forest plot trees from Palawan Island (Philipines).
Phytomedicine 8: 71–81.
42. Kirshnauraju AV, Rao TVN, Sundararaju D, Mulabagal V, Tsay HS, et al.
(2005) Assessment of bioactivity of Indian medicinal plants using brine shrimp
(Artemia salina) lethality assay. International Journal of Applied Science and
Engineering 3: 125–134.
43. Favilla M, Macchia L, Gallo A, Altomare C (2006) Toxicity assessment of
metabolites of fungal biocontrol agents using two different (Artemia salina and
Daphnia magna) invertebrate bioassays. Food and Chemical Toxicology 44:
1922–1931.
44. Russell RM, Robertson JL, Savin NE (1977) POLO: A new computer program
for probit analysis. Bulletin of the Entomological Society of America 23:
209–213.
45. Robbins CS (1981) Effect of time of day on bird activity. Studies in Avian
Biology 6: 275–286.
46. Rice WR (1989) Analyzing tables of statistical tests. Evolution 43: 223–225.
47. Moran MD (2003) Arguments for rejecting the sequential Bonferroni in
ecological studies. Oikos 100: 403–405.
48. Shinichi N (2004) A farewell to Bonferroni: the problems of low statistical power
and publication bias. Behavioral Ecology 15: 1044–1045.
49. Taylor S, Perrin MR (2006) The diet of the Brown-headed Parrot (Poicephalus
cryptoxanthus) in the wild in southern Africa. Ostrich 77: 179–185.
50. Ragusa-Netto J (2008) Yellow-chevroned Parakeet (Brotogeris chiriri) abundance
and canopy foraging at a dry forest in western Brazil. Studies on Neotropical
Fauna and Environment 43: 99–105.
51. Rodriguez-Ferraro A, Sanz V (2007) Natural history and population status of the
yellow-shouldered parrot on La Blanquilla Island, Venezuela. Wilson Journal of
Ornithology 119: 602–609.
52. Boyes RS, Perrin MR (2010) Do Meyer’s Parrots Poicephalus meyeri benefit
pollination and seed dispersal of plants in the Okavango Delta, Botswana?
African Journal of Ecology 48: 769–782.
53. Karasov WH Martinez del Rio C (2007) Physiological ecology: How animals
process energy, nutrients, and toxins. Princeton NJ: Princeton University Press.
744 pp.
54. Banko PC, Cipollini ML, Breton GW, Paulk E, Wink M, et al. (2002) Seed
chemistry of Sophora chrysophylla (mamane) in relation to diet of specialist avian
seed predator Loxioides bailleui (palila) in Hawaii. Journal of Chemical Ecology 28:
1393–1410.
55. Bosque C, Calchi R (2003) Food choice by Blue-gray Tanagers in relation to
protein content. Comparative Biochemistry and Physiology A-Molecular &
Integrative Physiology 135: 321–327.
56. Schaefer HM, Schmidt V, Bairlein F (2003) Discrimination abilities for
nutrients: which difference matters for choosy birds and why? Animal Behaviour
65: 531–541.
57. Norconk MA, Wertis C, Kinzey WG (1997) Seed predation by monkeys and
macaws in eastern Venezuela: preliminary findings. Primates 38: 177–184.
58. Herrera LG, Hobson KA, Martinez JC, Mendez G (2006) Tracing the origin of
dietary protein in tropical dry forest birds. Biotropica 38: 735–742.
59. Brightsmith DJ, McDonald D, Matsafuji D, Bailey CA (2010) Nutritional
content of the diets of free-living Scarlet Macaw chicks in southeastern Peru.
Journal of Avian Medicine and Surgery 24: 9–23.
60. Blohm H (1962) Poisonous Plants of Venezuela. Cambridge, MA: Harvard
University Press. 136 pp.
61. Seibert RJ (1948) The uses of Hevea for food in relation to its domestication.
Annals of the Missouri Botanical Garden 35: 117–121.
62. Fine PVA, Miller ZJ, Mesones I, Irazuzta S, Appel HM, et al. (2006) The
growth-defense trade-off and habitat specialization by plants in Amazonian
forests. Ecology 87: S150–S162.
63. Terborgh J (1992) Maintenance of diversity in tropical forests. Biotropica 24:
283–292.
64. Jakubas WJ, Guglielmo CG, Vispo C, Karasov WH (1995) Sodium-balance in
Ruffed Grouse as influenced by sodium levels and plant secondary metabolites in
Quaking Aspen. Canadian J Zool–Revue Canadienne de Zoologie 73:
1106–1114.
65. Green AK, Haley SL, Dearing MD, Barnes DM, Karasov WH (2004) Intestinal
capacity of P-glycoprotein is higher in the juniper specialist, Neotoma stephensi,
than the sympatric generalist, Neotoma albigula. Comp Biochem Physio A-
Molecular & Integrative Physiology 139: 325–333.
66. Mangione AM, Dearing MD, Karasov WH (2004) Creosote bush (Larrea
tridentata) resin increases water demands and reduces energy availability in desert
woodrats (Neotoma lepida). J Chem Ecol 30: 1409–1429.
67. Freeland WJ, Saladin LR (1989) Choice of mixed diets by herbivores: the
idiosyncratic effects of plant secondary compounds. Biochemical Systematics
and Ecology 17: 493–497.
Foraging Ecology of Parrots in Peru
PLoS ONE | www.plosone.org 7 June 2012 | Volume 7 | Issue 6 | e3829368. Vilialba JJ, Provenza FD (2007) Self-medication and homeostatic behaviour in
herbivores: learning about the benefits of nature’s pharmacy. Animal 1:
1360–1370.
69. Brightsmith DJ, Mun ˜oz-Najar RA (2004) Avian geophagy and soil character-
istics in southeastern Peru. Biotropica 36: 534–543.
70. Brightsmith DJ, Taylor J, Phillips TD (2008) The roles of soil characteristics and
toxin adsorption in avian geophagy. Biotropica 40: 766–774.
71. Powell LL, Powell GVN, Powell TU, Brightsmith DJ (2009) Parrots take it with
a grain of salt: available sodium content may drive Collpa (‘‘‘‘salt lick’’’’)
selection in Southeastern Peru. Biotropica 41: 279–282.
72. Houston D, McInnes K, Elliott G, Eason D (2007) The use of a nutritional
supplement to improve egg production in endangered kakapo. Biological
Conservation 138: 248–255.
73. Selman RG, Perrin MR, Hunter, ML (2002) The feeding ecology of Ruppell’s
parrot, Poicephalus rueppellii, in the Waterberg, Namibia. Ostrich 73: 127–134.
74. Moegenburg SM, Levey DJ (2003) Do frugivores respond to fruit harvest? An
experimental study of short-term responses. Ecology 84: 2600–2612.
75. Symes CT, Perrin MR (2003) Daily flight activity and flocking behaviour
patterns of the Greyheaded Parrot Poicephalus fuscicollis suahelicus Reichenow 1898
in Northern Province, South Africa. Tropical Zoology 16: 47–62.
76. Bonadie WA, Bacon PR (2000) Year-round utilisation of fragmented palm
swamp forest by Red-bellied macaws (Ara manilata) and Orange-winged parrots
(Amazona amazonica) in the Nariva Swamp (Trinidad). Biological Conservation
95: 1–5.
77. Symes CT, Marsden SJ (2007) Patterns of supra-canopy flight by pigeons and
parrots at a hill-forest site in Papua New Guinea. Emu 107: 115–125.
78. Weimerskirch H (2007) Are seabirds foraging for unpredictable resources?
Deep-Sea Research Part II-Topical Studies in Oceanography 54: 211–223.
79. Masello JF, Pagnossin ML, Sommer C, Quillfeldt P (2006) Population size,
provisioning frequency, flock size and foraging range at the largest known colony
of Psittaciformes: the Burrowing Parrots of the north-eastern Patagonian coastal
cliffs. Emu 106: 69–79.
80. Milton K (1980) The foraging strategy of howler monkeys: A study in primate
economics. New York: Columbia University Press. 165 pp.
81. Wright TF (2008) Stability and change in vocal dialects of the yellow-naped
amazon. Animal Behaviour 76: 1017–1027.
82. Norconk MA, Conklin-Brittain NL (2004) Variation on frugivory: The diet of
Venezuelan white-faced sakis. International Journal of Primatology 25: 1–26.
83. Herrerias-Diego Y, Quesada M, Stoner KE, Lobo JA, Hernandez-Flores Y, et
al. (2008) Effect of forest fragmentation on fruit and seed predation of the
tropical dry forest tree Ceiba aesculifolia. Biological Conservation 141: 241–248.
84. Stattersfield AJ, Capper DR, eds (2000) Threatened Birds of the World. Official
sourcebook for birds on the IUCN Red List. Barcelona, Spain and Cambridge,
UK: Lynx Editions and BirdLife International.
Foraging Ecology of Parrots in Peru
PLoS ONE | www.plosone.org 8 June 2012 | Volume 7 | Issue 6 | e38293